During the larval development of the subantarctic king crab, Lithodes santolla, and stone crab, Paralomis granulosa, we compared changes in the carbon, fatty acid and protein contents of larvae reared under constant conditions from hatching to metamorphosis, either in presence or absence of food (Artemia spp. nauplii). In both species the feeding condition had no influence on any of the chemical parameters studied, indicating a fully lecithotrophic (i.e. non-feeding) mode of development from hatching of the first zoea to metamorphosis of the late megalopa. Dry mass and carbon contents at hatching were similar in the larvae of both species, but L. santolla contained initially higher total amounts of fatty acids and protein than P. granulosa. Both species utilized considerable portions of their total fatty acid pool which decreased logarithmically throughout the time of development. At metamorphosis, it was almost exhausted in P. granulosa, while L. santolla had consumed only about 60%. Protein utilization, in contrast, was higher in L. santolla (40%) than in P. granulosa (20%). Triacylglycerol was the principal storage lipid in both species, accounting initially for about 75% of the lipid fraction; it was strongly utilized during larval development. Phospholipid constituted the second largest lipid class; it also decreased in P. granulosa, but to a lesser extent in L. santolla. The major fatty acids of both species were 18:1(n À 9), 20:5(n À 3) and 16:0 as well as, in lower proportions, 18:1(n À 7), 22:6(n À 3), 16:1(n À 7) and 18:0. Monounsaturated fatty acids represented the dominant group in L. santolla, whereas P. granulosa contained similar amounts of mono-and polyunsaturated fatty acids. In L. santolla, monounsaturated fatty acids, especially 16:1(n À 7), were preferentially utilized as compared to polyunsaturates. Due to a particularly strong lipid utilization in P. granulosa, all individual fatty acids were largely depleted at metamorphosis, showing similar extents of consumption. L. santolla had higher initial lipid and protein stores that seem to be used more economically as compared to P. granulosa. D
Introduction
Marine organisms living in areas with scarce or highly variable food supply, for instance in high latitudes, are especially dependent on the storage of large lipid reserves (e.g. Clarke, 1983 Clarke, , 1993 Kattner and Hagen, 1995) . Lipids are equally important during critical non-feeding developmental periods such as embryogenesis and metamorphosis (e.g. Anger et al., 1989; Kattner et al., 1994; Petersen and Anger, 1997) . In subpolar regions, where productivity occurs in short seasonal pulses (see Knox, 1994) , some lithodid crab species have evolved a non-feeding mode of larval development as a special adaptation to strong seasonality of planktonic food availability (Anger, 1996; Shirley and Zhou, 1997; Lovrich et al., 2003; Calcagno et al., in press) .
Although extensive investigations have been carried out on the biology of commercially exploited lithodids (for reviews, see Dawson, 1989; Lovrich, 1997) , little is generally known about the biochemical composition of their early life-history stages, particularly about the energy source of food-independent larvae. Detailed information on developmental changes in the elemental composition (carbon, nitrogen) of lecithotrophic larvae and feeding juveniles are available only for the northern stone crab, Lithodes maja (Anger, 1996) . Similar studies were performed recently for the subantarctic congener Lithodes santolla and another southern lithodid crab, Paralomis granulosa (Calcagno et al., in press ). In all these species, the larvae are able to develop successfully from hatching to metamorphosis in complete absence of food; the only major difference is that P. granulosa passes through only two zoeal stages, while Lithodes spp. have three, in all cases followed by a benthic megalopal stage (see McLaughlin et al., 2001 McLaughlin et al., , 2003 .
Although lipid deposits are generally the major energy source during non-feeding developmental periods in decapods (e.g. Herring, 1974; Holland, 1978; Amsler and George, 1984; Kattner et al., 1994; Wehrtmann and Kattner, 1998) , practically nothing is known about the lipid content and composition of lecithotrophic lithodid crab larvae.
Inferring from elemental and protein data, Anger (1996) estimated that lipids comprised about 30% of the dry mass of freshly hatched larvae of L. maja, and that about one half of these lipid reserves were catabolized during non-feeding development to metamorphosis.
In the present study, we measured changes in the biochemical composition of the larvae of L. santolla and P. granulosa, both of which are commercially exploited and economically important lithodid crab species in the Magellan region of southern Argentina and Chile, and along the Chilean coast (Lovrich, 1997) . Our major aims were (1) to compare biochemical changes in larvae reared in presence or absence of Artemia spp. nauplii in order to detect evidence for a possible ingestion and utilization of available food (facultative lecithotrophy), alternatively, lack of response to different feeding conditions should indicate a fully non-feeding mode of development (obligatory lecithotrophy); (2) to evaluate the utilization of internally stored lipids and proteins during lecithotrophic development. Special attention was paid to changes in the composition of lipids to elucidate possible preferences in the utilization of different lipid classes and individual fatty acids.
Materials and methods
The capture and maintenance of L. santolla and P. granulosa as well as the rearing of their larvae were described in detail by Lovrich et al. (2003) and Calcagno et al. (in press) . Briefly, ovigerous females were collected in April 2000 in the Beagle Channel (southern Argentina), kept in flow-through seawater aquaria, and transported with the German Research Icebreaker ''Polarstern'' to the marine biological laboratory at Helgoland (Germany). Actively swimming larvae (freshly hatched, all from the same female) were randomly selected, and subsequently one individual was reared in 100-ml bowls under constant conditions of temperature (6 jC), salinity (32), and a 12:12 h light/dark cycle. In two different experimental treatments, the larvae were reared either with or without addition of food (Artemia spp. nauplii; Argent Chemical Laboratories, USA). Water and (where applicable) food were changed daily, and the larvae were checked for moults or mortality.
Samples of larvae were collected for elemental and biochemical analyses immediately after hatching and later after different intervals of development (see Fig. 1 ). Dry mass and carbon determinations were performed with an autobalance (Mettler, UMT 2) and a Fisons Carlo Erba 1108 Elemental Analyser, respectively (for details, see Anger and Harms, 1990) . Five measurements of one larva each were performed for each interval.
Protein measurements were made in triplicate samples with one individual each, using the Lowry method (Lowry et al., 1951) with bovine serum albumin as a standard. The protein data were converted to values of protein-bound carbon applying a factor of 0.5, which is a realistic estimate based on the molecular structure of proteins and amino acids.
Due to the various chemical determinations carried out during the larval development, only one to three larvae per sample were available for lipid analyses. The larvae were homogenized and extracted in dichloromethane/methanol (2:1; v/v) according to Folch et al. (1957) . The lipid class compositions were determined by HPTLC and scanning densitometry (CAMAG TLC scanner III) after Olsen and Henderson (1989) . Different commercial standard mixtures and lipid extracts from marine organisms were used for identification (Hagen, 1988) .
The fatty acid compositions were determined by gas chromatography (Kattner and Fricke, 1986) . Briefly, fatty acids were converted to methyl esters by transesterification in methanol containing 3% concentrated sulphuric acid at 80 jC for 4 h. Fatty acid methyl esters were then analyzed with a gas liquid chromatograph (Chrompack 9000) on a 30 m Â 0.25 mm i.d. wall-coated open tubular column (film thickness: 0.25 Am; liquid phase: DB-FFAP) using temperature programming. Fatty acids were identified with standard mixtures and quantified by internal standard. If necessary, additional confirmation was carried out by GC-MS .
Due to the small number of specimens available for lipid analysis, the determination of total lipids was not possible. To estimate the total lipid fraction, the mass of individual fatty acids was summed, which is a slight underestimation. Fatty acid carbon was calculated according to the molecular structure of fatty acids which consist on average of 75% carbon. Fig. 1 . L. santolla and P. granulosa. Changes in biochemical composition during lecithotrophic larval development; all data are converted to Ag carbon (C) per larva. Carbon content with exponential fit for L. santolla ( y = 595.43e À 0.0134x) and logarithmic fit for P. granulosa ( y = À 68.038ln(x) + 572.05); total lipid with logarithmic fit for L. santolla ( y = À 39.967ln(x) + 271.55) and P. granulosa ( y = À 43.535ln(x) + 205.85); protein with exponential fit for L. santolla ( y = 168.13e À 0.0091x) and P. granulosa ( y = 124.96e À 0.0045x); triacylglycerols with logarithmic fit for L. santolla ( y = À 34.083ln(x) + 204.92) and P. granulosa ( y = À 32.709ln(x) + 156.36); phospholipids with exponential fit for L. santolla ( y = 39.348e À 0.0081x) and logarithmic fit for P. granulosa ( y = À 9.3307ln(x) + 41.019).
Results
The larval development of L. santolla was monitored for a period of 62 days after hatching. The first juvenile stage was collected on day 63. Samples of P. granulosa were available only until day 52, although larval development averages about 61 days (Calcagno et al., in press ). Hence, biomass losses occurring during the final ca. 9 days of megalopal development could not be measured, implying that our data underestimate the actual losses from hatching to metamorphosis. When values for fed and unfed larvae were compared in each species, no significant differences were found in dry mass, elemental composition, protein content, or in quantity or composition of the lipid fraction (two-way ANOVA with time of development and treatment as factors). While our results showed in both species a highly significant influence of development time, there was no significant effect of presence or absence of food, nor was there an interaction between the factors time and feeding condition. Thus, there was no indication of ingestion and utilization of food, i.e. the larvae of both species did not eat, regardless of food availability. Therefore, the data from both treatments were subsequently pooled for each species to analyze the effect of development time on the biochemical composition of the lithodid larvae.
Lithodes santolla
During the larval development of L. santolla from the freshly hatched zoea I to the late megalopa (62 days), dry mass decreased by 28% from about 1040 to 750 Ag per individual and then dropped sharply to 580 Ag in the first juvenile stage, which is a reduction of 16%. This decline in dry mass towards the juvenile was due to the loss of the exuviae, which is highest at metamorphosis . The utilization of total carbon, protein and fatty acids during the time of larval development is shown in Fig. 1 ; for more immediate comparison, all biochemical data are converted to carbon (C) values. Total C amounted initially to about one half of larval dry mass. It decreased from about 550 Ag in the zoea I to 270 Ag in the late megalopa, corresponding to a loss of 53%. The loss in total C towards the juvenile from 270 to 220 Ag was less pronounced than in dry mass resulting in a total loss of C from zoea I to juvenile of about 61%. Overall, the total C content was more reduced than dry mass. This decrease was best described as an exponential function of the time of development (r 2 = 0.9561; Fig. 1 ).
The protein content decreased from about 350 Ag per larva in the zoea I to 200 Ag in the late megalopal and first juvenile stage, representing a loss of about 40%. The initial proportion of protein-C made up on average 15% of dry mass. The proportion of protein-C made up on average 33% of total C during development to the late megalopal stage, but in the juvenile stage the proportion was higher comprising 45% of total C. The decrease in protein-C with developmental time was similar to that of total C decreasing exponentially (r 2 = 0.7998), but this pattern was here closer to a linear (r 2 = 0.7799) than to a logarithmic relationship (r 2 = 0.7222) (Fig. 1 ). Total fatty acid C comprised about 24% of dry mass and 44% of total C immediately after hatching. The total fatty acid content per individual decreased from about 250 to 100
Ag C (loss of about 60%) during development from hatching to the late megalopa without further decrease to the juvenile. The loss of lipid-C was more pronounced during the zoeal phase than in the megalopa. This decrease with time was best reflected by a logarithmic (r 2 = 0.8926) or exponentially fit (r 2 = 0.8519) (Fig. 1) . The major lipid classes of L. santolla were triacylglycerols (neutral lipids) and phospholipids (polar lipids), which together comprised about 85% of total lipid. Triacylglycerols alone contributed initially ca. 70-75% to the total lipid fraction, but this proportion decreased during development to the late megalopa and early juvenile stage to about 55 -60%. The amounts of triacylglycerol-C per individual decreased logarithmically from 180 Ag at hatching to about 60 Ag C in the late megalopa and freshly metamorphosed juvenile (r 2 = 0.9163), which is a loss of 67%. The phospholipid fraction decreased to a lesser extent, from about 45 to 26 Ag C per larva (i.e. by 42%) with only low statistical significance (Fig. 1) .
The major fatty acids of L. santolla were 18:1(n À 9) and 20:5(n À 3), comprising up to 30% and 28% of total fatty acids, respectively, followed by 16:0, 18:1(n À 7), 22:6(n À 3), 16:1(n À 7) and 18:0. Other fatty acids occurred only in small amounts (Table 1) . Mean F S.D.
Mean F S.D.
Mean F S.D. 
29.7 F 0.9 30.5 F 0.6 24.7 F 1.4 26.4 F 0.7 26.0 F 1.3 18:1(n À 7) 11.0 F 1.0 12.5 F 0.3 12.2 F 0.5 10.1 F 0.3 10.9 F 0.3 10.7 F 0.7 18:2(n À 6) 1.3 F 0.9 Monounsaturated fatty acids were the major group, mostly due to the dominance of 18:1(n À 9). Zoea and early megalopal larvae of L. santolla had a similar composition. A clear change, namely an increasing dominance of polyunsaturated fatty acids, became visible in the late megalopa and juvenile. The relative increase in 20:5(n À 3) and 22:6(n À 3) was probably due to the proportional increase of remaining phospholipids in relation to triacylglycerols in the older stages. While total fatty acids decreased by about 60%, the losses varied among individual fatty acids. Monounsaturated fatty acids were preferably utilized, especially 16:1(n À 7), decreasing by >80%, followed by the two 18:1 isomers. Only about 22% of the polyunsaturated fatty acid 20:5(n À 3) and 30% of 22:6(n À 3) were utilized from hatching to the late megalopa; including the development to juvenile the loss was 40% for 20:5(n À 3) and 30% for 22:6(n À 3). Since no differences were found between fed and unfed larvae, the data from the two treatments could be pooled (Fig. 2) .
Paralamis granulosa
Total dry mass and carbon content of the first larval stage of P. granulosa were slightly lower than in L. santolla. Also the decrease in dry mass observed during larval development from hatching to the late megalopa was weaker in P. granulosa (from 985 to 764 Ag per individual, corresponding to a loss of 22%). The ratio of total C to dry mass was roughly the same in both species.
The losses of total C, protein and total fatty acids are presented in Fig. 1 . Nearly half of the C initially present was lost during larval development of P. granulosa, comparable to L. santolla, decreasing from about 540 to 280 Ag C per individual. This decrease can be fit Fig. 2 . L. santolla and P. granulosa. Fatty acid utilization during lecithotrophic larval development, expressed as percentage decrease of major individual fatty acids (mean data from experiments with fed and unfed larvae). Decrease was calculated from fatty acid amount of zoea after hatching (day 0) and latest megalopa analyzed (day 62 for L. santolla and day 52 for P. granulosa) (open bars). In addition, the same calculation is presented until the juvenile stage of L. santolla (gray bars). almost equally well using either a logarithmic (r 2 = 0.9089) or an exponential function (r 2 = 0.8997). The protein content per individual decreased moderately from hatching to the late megalopal stage, from 260 to 200 Ag (or from 128 to 100 Ag protein-C), representing a loss of about 22%. This decrease follows an exponential (r 2 = 0.7920) or a linear trend (r 2 = 0.7673), comparable with the pattern observed in L. santolla (Fig. 1) . The proportion of protein-C within total dry mass remained almost constant at 13.4%, whereas the percentage of protein-C to total C increased from 24% in the zoea I to 35% in the megalopa. This differs conspicuously from L. santolla, where the percentage of protein-C remained almost constant.
The fraction of total fatty acid C within dry mass or total C in hatching P. granulosa was lower than in L. santolla, accounting for about 20% and 30%, respectively. These proportions decreased to about 5% and 12% in the late megalopa. The utilization of lipids was higher in P. granulosa than in L. santolla. From the first zoeal to the late megalopal stage, the content of total fatty acid C declined from 270 to about 50 Ag C per larva, or by about 81%. A major part of the decrease in total fatty acids occurred during the first 10-15 days of development. This pattern could be described with a logarithmic (r 2 = 0.9200) or an exponential fit (r 2 = 0.8947). Very similar patterns were found also in total C, showing that these two parameters are closely linked. As in L. santolla, triacylglycerols also were the major lipid class in P. granulosa, contributing on average 75% to total lipids, while the proportion of phospholipids was only about 17%. Triacylglycerols were utilized by more than 80%, decreasing during larval development from about 200 to 32 Ag per individual. The same trend was observed in phospholipids. This is different from L. santolla where proportionally less triacylglycerols and only small amounts of phospholipids were utilized. The losses in triacylglycerols and phospholipids were best fitted by exponential (r 2 = 0.9509 and r 2 = 0.8737, respectively) or logarithmic functions (r 2 = 0.9462 and r 2 = 0.8307) (Fig. 1) . The same principal fatty acids as in L. santolla occurred also in P. granulosa, but with different proportions. Mono-and polyunsaturated fatty acids contributed 36% and 41%, respectively, while only 23% of the total fatty acid pool were saturates. The major fatty acids were 18:1(n À 9), 16:0 and 20:5(n À 3), occurring in similar quantities each comprising up to 20% of total fatty acids. 22:6(n À 3), 18:1(n À 7), 16:1(n À 7) and, in contrast to L. santolla, also 20:4(n À 6) occurred in considerable amounts (up to 7%). No significant changes in the fatty acid composition were observed during development or between fed and unfed larvae (Table 2 ). Due to the strong utilization of lipids during larval development, all fatty acids were in this species considerably depleted. When metamorphosis was approached, 16:1(n À 7) was almost exhausted, while polyunsaturates had been utilized to a slightly lesser extent (Fig. 2) .
Discussion
Experimental evidence of food-independent larval development (lecithotrophy) has been shown for several lithodid crab species, namely L. maja (Anger, 1996) , L. aequispinus (Shirley and Zhou, 1997) , L. santolla (McLaughlin et al., 2001; , and P. granulosa (McLaughlin et al., 2003; Calcagno et al., in press ). This reproductive trait, which is quite unusual among the marine decapod crustaceans (for review, see Gore, 1985; Rabalais and Gore, 1985; Anger, 2001) , is based on an enhanced female energy allocation per offspring, i.e. the production of large yolky eggs. Since most examples of lecithotrophy have been observed in subpolar regions, this trait has been interpreted as an adaptation to strong seasonality in planktonic food availability with only short pulses of productivity in summer (for recent discussion, see Anger et al., 2003; Thatje et al., 2003) . Hence, lecithotrophic larvae may be expected to occur also in other lithodid species as well as in other decapods living in high latitudes (Anger, 1996 (Anger, , 2001 . While this generalization is supported by large egg size frequently observed in subpolar species, comparative experimental evidence of lecithotrophic life histories is largely missing.
Our results on lipid and fatty acid composition of the early life-history stages of L. santolla and P. granulosa provide evidence for lecithotrophy throughout larval development from hatching to metamorphosis. This food-independent mode of development is based on unusually high initial organic reserves, mainly on enhanced lipid stores remaining from the egg yolk (for recent review and comparison with planktotrophic decapod larvae, see Anger, 2001 ). Since food availability did not result in an increase (or in a lower rate of decrease) in dry mass, total carbon, or in the fatty acid content, and no differences in the fatty acid composition of fed and unfed larvae were found, our data indicate consistently that the larvae of both species are fully non-feeding (obligatory lecithotrophy). Although the last few days prior to metamorphosis in P. granulosa were not covered, which could allow for a slight doubt as to the degree of lecithotrophy during the final phase of larval development in this species, observations of larval mortality, development duration and mouthpart morphology (McLaughlin et al., 2003) as well as more complete data of their elemental composition (total C, N, C/N ratio; Calcagno et al., in press) support our conclusion that all larval stages are non-feeding. First food uptake and growth have consistently been observed after metamorphosis, i.e. in the first juvenile crab stage Calcagno et al., in press ).
Studies of the elemental composition of lithodid larvae suggested that lipid reserves remaining from the egg yolk should provide the principal energy source for non-feeding development (Anger, 1996) . Our study provides now the first direct biochemical evidence for this inferred assumption. Already for embryogenesis a considerable amount of the initially available egg lipids is invested. As known from most planktotrophic marine decapod species utilization rates vary from about 25 to 60% of total lipid among species from different climatic zones (Anger and Harms, 1990; Wehrtmann and Kattner, 1998; Wehrtmann and Graeve, 1998; Anger, 2001; Graeve and Wehrtmann, 2003; Morais et al., 2002) . In the eggs of L. maja, about one third of the initial total C content is utilized during embryogenesis (Anger, 1996) . Thus, species with a lecithotrophic larval development have to furnish their eggs with an enhanced lipid pool which may comprise at least 40% of dry mass to cope with the extended period of non-feeding development. Comparable large eggs contain up to 40% of lipid (Herring, 1974) .
Although size, dry mass and C contents were similar in freshly hatched zoeal larvae of L. santolla and P. granulosa, the initial lipid content was about 20% higher in L. santolla. Its zoeal development is comprised of three stages lasting together about 22 days (at constant 6 jC), while the megalopal stage alone requires ca. 40 days . In P. granulosa, by contrast, there are only two zoeal stages which require in total about 16 days, followed by a megalopa which requires another ca. 45 days to reach metamorphosis (Calcagno et al., in press ). The pattern of lipid utilization during the time of development may be described as a logarithmic decrease in total fatty acids. According to the fitted equation, the three zoeal stages of L. santolla combined utilized within 22 days about 46% of the total fatty acid pool that was present at hatching, whereas the megalopa used only 15% of the lipids within the following 40 days. For P. granulosa, the same calculation results in a utilization rate of 59% for the zoeae (with only two stages and 16 days of development), while another 28% was utilized during the 45 days of development through the megalopal stage. These estimates are very similar to the losses that were measured directly during the period from hatching to metamorphosis. According to these data, 60% of the total fatty acid pool were consumed in L. santolla and 81% in P. granulosa (in the latter species measured only until day 52, suggesting that yet higher losses may occur until metamorphosis). The differences in the percentage utilization of total fatty acids are partly due to the differences in the initial amounts of fatty acids in the first zoeal stages, which were lower in P. granulosa than in L. santolla.
As in the total lipids fraction, the amount of proteins measured at hatching was lower in P. granulosa than in L. santolla. However, L. santolla utilized during its larval develop-ment twice as much of its initially available protein (about 40% vs. 20%), coinciding with a lower utilization of lipids. A nearly linear pattern of protein degradation shows that this fraction was not preferentially utilized during zoeal development. Hence, L. santolla appears to utilize the two principal biochemical fractions of its biomass in a more balanced fashion as energy sources, which makes it less dependent on lipids than P. granulosa. On the other hand, freshly hatched L. santolla larvae contained more lipids than P. granulosa. In the latter species, lipids were almost exhausted shortly before metamorphosis, while proteins had hardly been used. This difference is confirmed also by measurements of the C/N ratio at metamorphosis, which was lower in P. granulosa than in L. santolla.
Triacylglycerols, which are generally considered as the principal storage lipid, constituted the major lipid class in both species, whereas phospholipids, which are typical membrane lipids, were less abundant. The utilization of lipids was thus closely related to that of triacylglycerols. As shown also for total fatty acids, these two lipid classes were utilized less by L. santolla than by P. granulosa. In the latter, phospholipids also decreased logarithmically during larval development. A high proportion of triacylglycerols, which is the most important energy source, may thus be typical of lecithotrophic larvae, whereas the lipids in the eggs and larvae of other decapod species are often dominated by phospholipids (Clarke, 1977 (Clarke, , 1979 (Clarke, , 1993 Kattner et al., 1994; Wehrtmann and Graeve, 1998; Graeve and Wehrtmann, 2003) .
The fatty acid composition of the larval stages of L. santolla and P. granulosa are not essentially different from that in other decapod larvae (e.g. Levine and Sulkin, 1984; Clarke et al., 1990; Kattner et al., 1994; Graeve et al., 1997) . Higher proportions of monounsaturates in L. santolla are probably due to the higher amounts of triacylglycerols. Due to stronger utilization of lipids by P. granulosa as compared to L. santolla, interspecific differences occurred in the overall consumption of individual fatty acids. In both species, monounsaturated fatty acids were preferentially catabolized during larval development, with strongest utilization of 16:1(n À 7) followed by degradation of the 18:1 isomers. A preferential catabolism of monounsaturates may be generalized, as other investigations on fatty acid utilization during embryogenic and larval development of decapods show consistently the same pattern (Rainuzzo et al., 1997; Wehrtmann and Graeve, 1998; Wehrtmann and Kattner, 1998; Morais et al., 2002) . In P. granulosa the polyunsaturated fatty acids 20:5(n À 3) and 22:6(n À 3) were largely depleted when metamorphosis was imminent, indicating the crucial importance of immediate feeding in the first juvenile crab stage. In L. santolla, however, the amount of polyunsaturates decreased only slightly during development to the late megalopa and through metamorphosis to the first juvenile stage, so that their proportions within the total fatty acid pool increased. In general, polyunsaturates are essential components in marine organisms, because they play the central role in the buildup and maintenance of membranes, requiring that they are used less for energetic demands but conserved for membrane differentiation. Since P. granulosa has lower initial lipid reserves than L. santolla and, moreover, it is apparently less capable of utilizing its protein stores for additional energy production, this species appears to approach more closely its ultimate limits of lecithotrophy.
In summary, we found clear interspecific differences in the utilization patterns of lipids and proteins of two subantarctic lithodid species with fully lecithotrophic larvae. As a major difference in their life cycles, these species show different degrees of abbreviation of the zoeal phase (two stages in P. granulosa, three in L. santolla). As a consequence of longer stage durations in P. granulosa, however, the total period of larval development from hatching to the first juvenile crab stage is roughly the same in both species. Generally, the utilization of lipids was much more pronounced during the actively swimming zoeal phase than in the benthic megalopa. In L. maja, which shows similar behavioral changes during its larval development, this change in larval activity was clearly reflected by high rates of oxygen consumption in the zoeae followed by low metabolic rates in the megalopa (Anger, 1996) .
L. santolla contained higher initial amounts of storage compounds, which were used more economically. Namely, a stronger use of protein reserves allowed for spare use of lipids. In P. granulosa, on the other hand, lipids were nearly depleted shortly before metamorphosis. Hence, the eggs and early larvae of L. santolla appear to be better prepared for non-feeding development than those of P. granulosa, and the first juvenile crab stage of L. santolla may thus depend less on benthic food availability. However, the initial furnishing of eggs with lipids may be intraspecifically highly variable, depending on season, population, size, age or physiological condition (feeding status) of the female and, possibly, other internal and/or environmental factors. This is suggested by observations of significant variability in the carbon content of eggs and larvae produced by different females of L. maja (Anger, 1996) . The extent and the consequences of intraspecific variability in egg size and biochemistry of L. santolla and P. granulosa as well as in other possibly lecithotrophic lithodid species living in high latitudes remains to be further elucidated.
